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Abstract 
Theory and observations suggest that offspring abandonment in animals may occur when the costs to future reproductive 
output of current reproductive effort outweigh the fitness benefits of rearing the current brood. While hormonal cues (i.e. 
corticosterone) or energy reserves are believed to be involved, few studies have directly focused on the proximate cues 
influencing behaviours directly related to reproductive success. To address this information gap, we determined the 
incubation metabolic rates and corticosterone (CORT) levels of naturally fasting and freely incubating ancient murrelets 
(Synthliboramphus antiquus). Respiratory quotient (RQ) increased with date, suggesting that incubating ancient murrelets 
shifted from strictly lipid-based metabolism towards more protein-based metabolism as incubation progressed. Birds that 
hatched only one nestling had higher levels of circulating CORT than those which hatched two, suggesting that birds which 
laid only a single egg found incubation more stressful than those which laid two. However, CORT levels and incubation shift 
lengths were not correlated, suggesting that birds that undertook prolonged incubation shifts did so only when their 
energy stores were not jeopardized. 
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Introduction \ 
Iteroparous animals face a trade-off between conserving their 
own energy and delivering energy to their young [1]. In particular, 
annuals may abandon a current reproductive attempt when the 
associated cost is too high [1]. .Many studies have focused on the 
ultimate mechanisms that mediate these evolutionaiy tradeoffs 
[2,3], and some studies have examined the proxiinate cues 
underlying behaviours that determine reproductive success, such 
as abandonment (e.g., in long-lived seabirds: [4]). 
Under unfavorable weather conditions, partners of incubating 
seabirds may extend their foraging trips to maintain their own 
body reserves while the incubating bird is fasting on the eggs [4,5]. 
The incubating bird adjusts to prolonged fasting by mobilizing fat 
stores and sparing body proteins [6]. However, once a threshold is 
crossed, it is thought that protein metabolism also begins to 
contribute to energy production so that neither body proteins nor 
lipids are fully depleted; once mass reaches a lower threshold, the 
bird abandons [7]. A high metabolic rate-associated with large 
muscles and digestive tract-may increase a bird's ability to capture 
food at-sea or adjust to changes in food distribution, but lead to 
increased reserve depletion at the colony [8,9,10,11]. Thus, 
incubation metabolic rate (IlvIR) may play a strong role in 
regulating reproductive success, as birds with a higl:ier metabolic 
rate (due to differences in thermoregulation, thyroid hormone 
levels or body composition) may abandon sooner than those with a 
lower rate. 
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A recent review suggested that resting metabolic rate is often 
correlated with individual behavior, especially aggressiveness, 
across a wide range oftaxa [12]. Few studies, mainly of penguins 
and petrels, have examined the effect of metabolism on breeding 
behavior or success. 1,Iale burrow-nesting Leach's storm-petrels 
( Oceanodroma leucorhoa), with relatively low basal metabolic rates, 
hatched their eggs earlier in the season and had higher offspring 
wing growth rates than males with relatively high basal metabolic 
rates; there was no effect on lifetuue hatching success or female 
reproductive parameters [13]. In contrast, daily energy expendi-
ture was not correlated with reproductive success (offspring feeding 
rates) in Briinnich's guillemots (Uria lomvia), although those authors 
did not examine resting metabolic rate [14]. Given the possibility 
of linkages between metabolism, at-sea foraging success and 
incubation shift length, we hypothesized that metabolic rate might 
be a good predictor of reproductive success in seabirds. 
Indirect calorimetiy is a common method to estiluate metabolic 
energy eJ.'Penditure in animals, based on oxygen consumption rate 
(T7 02) or carbon-dioxide production rate (V co2). The respiratoty 
quotient (RQ) of C02 produced to 0 2 consumed is an index that 
characterizes energy sources of activity in a given period; low RQ 
(i.e. ~o. 7) indicates reliance on lipid substrates, whereas high RQ 
(i.e. ~ 1.0) characterizes protein use. RQmay increase during long 
fasting periods, because the birds shift into phase III fasting, when 
protein catabolism increases [15, 16, 17]. However, available 
information for seabirds is lin1ited to penguu1s and albatrosses, 
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which have very long incubation shifts; species with shorter 
incubation shifts, like auks, have seldom been examined. 
Baseline levels of corticosterone (CORT) were negatively 
correlated with reproductive success and body condition in 
black-legged kittiwakes (Rissa tridactyla; [18, 19]), as well as with 
food availability in common guillemots (Uria aalge; [20]). CORT 
levels correlate at an individual level with rates of abandonment in 
passerines ([21,22]; see also [23]). \Ve therefore predicted that 
CORT levels should increase with incubation shift length qow 
food supply requiring longer periods at sea) and should decrease 
with reproductive success (higher nest desertion rates being 
associated with lower food supply) [24,25,26]. 1fany of the 
processes involved in IlvIR, such as thermogenesis and basal 
metabolic rate, arc controlled to a large degree by the thyroid 
hormones. Because CORT is involved in energy mobilisation, and 
can be a proximate cue or "rcfeeding signal" that triggers nest 
desertion when animals have depicted energy stores (e.g. [27,28]), 
we also predicted that Th1IR may be positively correlated with 
reproductive success due to decrea-scd energy metabolism and 
associated thermogenesis in birds prior to nest desertion. 
Specifically, CORT can exert a negative feedback on T3 to 
regulate energy homeostasis (e.g. [30]). 
\Ve examined the relationships between IlvIR, metabolic 
substrate, CORT, fasting duration and reproductive success. 
Using wild birds nesting in artificial nest boxes, we were able to 
measure the rates of oxygen consumption and carbon dioxide 
production of freely incubating small auks (ancient murrelets, 
Synthliboramphus antiquus) in the field without causing them any 
disturbance. \ 1\Te further tested whether longer fasting endurance 
was correlated with an increased respiratory quotient (RQ) 
through greater protein catabolism [29]. We believe that this is 
the first study to examine metabolic rate, incubation shift length 
and corticostcrone levels in free-living birds. 
Materials and Methods 
Ethics Statement 
Appropriate animal care permits were obtained (Environment 
Canada National \Vildlife Research Centre Animal Care Permits: 
0800AG02 [2008], 10AG02 [2010]). 
Study Site and Animals 
Ancient murrelets are small ( ~220 g) auks that share incubation 
equally between pair members [30]. The normal clutch size is two 
eggs, but a minority of birds lay only one egg [31]. Because 
incubation shifts are longer (2-3 days) than those of other auks, 
and because murrelets, unlike most seabirds, do not rear young at 
their nest [31], incubation is probably the most demanding phase 
of breeding in this species [6,8,32]. We measured plasma CORT 
levels of 38 ancient murrelets during April-June 2008 at Reef 
Island, Haida Gwaii, BC, Canada (52.52° N, 131.31°v\~. In April-
May 2010 we returned to Reeflsland to measure the incubation 
metabolic rate of ancient murrelets (Th1R, N= 18 birds). The 
ambient temperature (Ta) during our study was relatively constant 
because the boxes were buried in the ground and in deep shade, 
ranging between 4-9°C. Because ancient murrelets are very 
susceptible to nest desertion if disturbed [31], all activities that 
required handling birds outside the burrow occurred at the end of 
incubation. Consequently, only pairs which completed incubation 
were included in the analysis. 
To measure fasting duration at the time of measurements (i.e. 
time since arrival at the nest box), one of each pair of study birds 
was equipped with a miniature radio transmitter (Pip Ag376: 1.3 g, 
LOTEK, St. John's, NF, USA) and a metal band (if not already 
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banded) witl1out removing the bird from tlie nest box. Before 
measuring Th1IR, we left the radio-equipped birds undisturbed for 
at least three days. 
Incubation Metabolic Rate 
\ 1\Tc used open-flow respirometry to measure metabolic rates of 
naturally incubating birds in a respiromet1y chambers, which 
comprised modified artificial wooden nest boxes (external dimen-
sions: 40 cm X 40 cm X 13 cm; [33]) buried in the ground. All the 
birds were sampled in artificial nest boxes. A sampling tube was 
inserted along one side of the main chamber of each nest box with 
air flowing through the chamber during the entire measurement 
(Fig. 1) and a FOXBOX II® (FoxBox, Sable Systems Internation-
al, Las Vegas, NV, USA) pulled air from the sampling tube 
through the gas analyser's sampling stream. All connections 
between the various components of the respirometly system were 
made with gas impermeable Bev-A-Line tubing and connectors. 
Prior to our recording, the equipment was tested with captive 
animals in the laboratmy (i.e. Japanese quail Cotumix japonica). 
\Vit11 tl1is arrangement, the sampling tubes constituted part of the 
normal structure of ilie nest box, allowing us to take samples 
witl10ut disturbing tl1e birds. 
During each trial gas composition was recorded at 2-10 s 
intervals for 15 to 45 min after equilibrium had been achieved 
using Daemon software (Sable Systems International). \ 1\Te 
recorded ilie baseline gas levels (scrubbed of water, and, for the 
m.ygen analyzer, of carbon dioxide) without a bird for 10 min 
before and after each trial, using a randomly selected empty nest 
box sin1ilarly placed in the ground. Prior to recording, we ran the 
machine until readings reached a plateau. Data were excluded 
from this analysis when no plateau was reached within 45 min. 
Prelin1inaiy investigation showed that the washout constant was 
5 min and flow rate was approximately double that needed to 
capture all outflowing air. v\Te used magnesium perchlorate to diy 
outside air with a flow rate of~ 1.2 L/min, which was pumped 
through the chamber using the pump and flow meter built into the 
FoxBox II® respirometer. The effiuent air passed through the 
FoxBox carbon dioxide analyser. Carbon dioxide was then 
removed from the air using soda lime and ilie effiuent was passed 
through the FoxBox oxygen analyser. Both the oxygen and carbon 
dioxide analysers were calibrated at ilie start and end of each field 
season using pure nitrogen and 30% oxygen-70% nitrogen stock 
gas. The gas analysers were calibrated before each measurement 
using soda lin1e (C02 scrubber). \Ve corrected for analyser drift 
linearly during data analysis. 
\Ve measured both V c02 and V C02· Because of substantial drift 
in the oxygen analyser associated with variation in ambient 
temperature and pressure in a field environment, we relied on 
V co2 for comparisons across time. Nonetl1eless, the measurement 
of V c02 was highly correlated wiili the measurement of V co2 
(t= 0.92, 11 = 58). l'\1c measured V co2 eve1y four hours (04:00, 
08:00, 12:00, 16:00, 20:00 a!ld 24:00 Pacific Daylight Time: 
approximately 1.5 hours ahead of solar time at our field site) to 
examine die! variation in metabolic rates. v\Te did not measure 
continuously for the 48 h period to allow birds to exchange 
incubation duties without disturbance. Change overs normally 
took place between 24:00 and 04:00. Total energy consumption of 
the emb1yo is only a small percentage (0.3-3%) of the energy 
expenditure of tl1e parents during incubation [34,35] and ilius we 
assumed that egg metaboli~m made a negligible conti·ibution to 
overall metabolism. 
v\Te used the automated drift correction function in ExpeData 
(Sable Systems) to account for analyser drift in our 0 2 and C02 
December 2013 J Volume 8 J Issue 12 J e84280 
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Figure 1. Schematic representation of a nest-box modified into a metabolic chamber (A) and airflow from a bird chamber to 
FOXBOX (B). Air pulled from a nest chamber into FOXBOX (A). Concentrations of C02 and 0 2 inside a nest box were measured through FOXBOX (B). 
doi:10.1371/journal.pone.0084280.gOOl 
signals and then calculated f7co2 and Vco2 (mL min-1) for each 
individual using that software [36]. Studies that calculate energy 
expenditure based on C02 production, such as doubly-labeled 
water methods, must assume a value for RQ (usually between 
0.71-D.75 for resting birds: [37]), and reported energy expendi-
tures are inversely related to those values. RQ can change 
significantly over the course of incubation, suggesting the 
possibility that changes in diet over the season can be misconstrued 
as changes in energy expenditure over the course of tl1e season. In 
this study, we calculated RQ index as: 
PLOS ONE www.plosone.org 3 
Plasma CORT Analysis 
To determine baseline CORT levels of adult ancient murrelets 
during breeding, we collected brachia! blood samples from 
incubating murrelets at the end of incubation (lviay-June 2008). 
For each individual we preserved a drop of blood on filter paper to 
determine sex using PCR [5]. All blood samples were obtained 
witliin two minutes of capture. They were collected in heparinised 
cryovials and centrifuged immediately after collection. Centrifuged 
samples were kept frozen until prepared in the laboratory. CORT 
levels were measured using a specific and sensitive 1251 double 
antibody radioimmunoassay (1vIP Biomedical kit 07-120103). The 
samples were measured in duplicate in a single assay (intra-assay 
variability= 5.4%; mininmm detection level= 0.05 ng mL - 1). 
Baseline corticosterone (i.e. samples collected within less than 
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3 min of capture [38]) should reflect the energetic state of a given 
individual, unaffected by the stress of capture [39]. 
Statistical Analysis 
All analyses were performed in R 2.15.2 [40]. We tested for 
normality in the distribution of all variables and loge-transformed 
those that were not normally distributed. For model fitting, we 
used response variables: residual of RQ on Ta and CORT level 
respectively in two separate models. Fasting duration (short vs. 
long for RQ) and reproductive success (1 or 2 chicks for CORT) as 
explanatory variables. As all the pairs included laid two eggs and 
completed incubation, reproductive success was determined solely 
by hatching success. Data were collected repeatedly from each 
individual for IlVIR. To account for pseudoreplication, individual 
identity was included as a random effect in the model. For model 
fitting, we used generalized linear mi.xed models with the !mer 
function in the R lme4 package. 
To examine the relationship between the RQindex and fasting 
duration, measurements were divided into those made before 
(<2 d fasting at the time of measurements) and after (2:2 d fasting 
at the time of measurements) the modal fasting duration (Fig. 2) 
[5]; the same break point was also found using piecewise 
regression analysis. Clutch size of each pair was determined at 
the end of incubation and the status was confirmed after chicks 
departed to sea. Reproductive success was measured as number of 
chicks that successfully departed from the colony. Unless otherwise 
indicated, means ± SE are presented. CORT levels were 
compared between pairs with two chicks surviving to depart from 
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Incubation Costs in Murrelets 
Results 
Ancient murrelets weighed 215±2 g at the end of the 
incubation period in 2010. Mean fasting duration at the date of 
weighing was 1.46±0.12 days (N= 18 birds, N=58 measure-
ments). 111etabolic rates of incubating ancient murrelets were 
1.57±0.07 mLC02 g-1 h- 1 (=17.32Jg- 1 h- 1,whichtranslates 
to 25.8 kJ L j,r c02 -I, assuming a conversion coefficient of 25.8 kJ 
L j,r c02; Fig. 3). There was no significant effect of body mass on 
incubation metabolic rates (t57 = 1.95, P= 0.06), although body 
mass variation was relatively low (coefficient of variation= 3.4%). 
j,r c02 values were independent of mean fasting duration 
(t57 = 0.82, P= 0.42) and of reproductive success (t57 = -1.07, 
P= 0.29). There was no diffetence in mean RQ between daytime 
and nighttime (t43 = 0.04, P= 0.96). RQ increased with Ta 
(R2 =0.31, 157 =5.22, P<0.0001) and calendar date (R2 =0.31, 
t57 = 5.16, P<0.0001). RQ was higher for shift lengths 2:2 days 
than for shorter shifts (t57 = -11.21, P<0.0001; Table 1), and the 
difference was still significant after accounting for Ta (residual of 
RQ on Ta: 157 = -2.30, P= 0.02). 
In 2008, ancient murrelets weighed 200±2 g (N= 38 birds) and 
mean plasma CORT level was 13.8±1.4 ng mL- 1 (range=2 to 
49 ng mL - I). There was no difference between males and females 
(males= 14.0±2.4 ng mL- 1, females= 13.7±1.5 ng/mL, 
t31 =0.11, P=0.91). All pairs in this study incubated two eggs, 
but 6 out of 38 pairs had only one chick because one egg failed to 
hatch. The birds with two chicks had significantly lower levels of 
CORT (12.6±1.0 ng mL1, vs. 23.2±6.6 ng mL1, t36 =5.40, 
P<0.0001; Table l; Fig. 4). CORT levels were independent of 
mean fasting duration (t18 = -0.35, P=0.72) and of hatching date 
(t36 = 0.11, p:=; 0.90). 
2.5 3.0 
Figure 2. Frequency of fasting duration at the time of measurements of incubation metabolic rate in ancient murrlets at Reef Island 
in 2010. 
doi:10.1371/journal.pone.0084280.g002 
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Figure 3. Relationship between Ln { i' 02 : oxygen consumption rate) and Ln { i7 c02: carbon dioxide production rate) in incubating 
ancient murrlets at Reef Island in 2010 {N= 18 birds, N= 58 measurements). 
doi:l 0.1371/journal.pone.0084280.g003 
Discussion 
We found birds that produced one chick exhibited higher 
CORT levels at the end of incubation than those birds that 
produced two chicks. The difference in CORT levels suggests that 
birds hatching only one chick had more difficulty in completing 
incubation than those that reared two chicks, presumably because 
they found it more difficult to secure the necessmy nutrition. Thus, 
variation in CORT appeared to be associated with variation in 
reproductive success. As reproductive success was determined 
during incubation (via egg viability or hatching success) and 
CORT was measured at the end of incubation, a key assumption 
is that individual variation in CORT levels at the end of 
Table 1. The relationships between RQ and the length of 
fasting endurance, and CORT levels and reproductive success 




RQ on Ta 
-0.02±0.01 
(n = 40 measurements) 
0,04±0.02 
(n= 18 measurements) 
doi:l 0.1371/journal.pone.0084280.tOOl 







(N = 32 birds) 
5 
incubation is representative of individual variation in CORT 
levels earlier in incubation. 
There is a strong body of literature showing that higher CORT 
levels usually coincide with lower foraging success in seabirds 
[41,42,43,44,45]. In our case, as CORT mobilizes glucose in the 
blood stream and is negatively correlated with food availability in 
seabirds at the colony [18, 19,46] and individual [27] level, we 
suggest that the relationship between CORT level and reproduc-
tive success may indicate that birds hatching only one chick found 
it difficult to maintain adequate nutrition during incubation 
[4,28,30]. Furthermore, CORT may negatively interact with 
prolactin, a hormone that facilitates parental behavior [47,48]. We 
propose that birds with low foraging success may have had higher 
levels of CORT and lower levels of prolactin, resulting in 
decreased reproductive success [ 49,50]. Given the linkages 
between foraging success, incubation shift length and reproductive 
success in murrelets [5], we suggest that reduced foraging success 
in murrelets reduces investment in current reproductive success, 
partially mediated by CORT. 
Our values for CORT were almost two orders of magnitude 
higher than a published value for the congeneric fiynthliboramphus 
f!)'}loleucus (0.2 ng mL - l, [51 ]). However, they were similar to other 
measurements in auks (both guillemot species Uria spp. : 1.5-
7 .6 ng mL - 1, rhinoceros auklets Cerorhinca 111011ocerata: 10 ng mL -I, 
least auklets Aet!zia pusilla: 6 ng mL - I [52,53]), which suggests that 
the measurement for S. !!)'}loleucus is the outlier value. 
RQ index provides an indication of the principal substrates 
being utilized [54]. In our study the initial RQ index indicated 
that, as expected, fat was the main energy resource during fasting 
December 2013 I Volume 8 I Issue 12 I e84280 
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Figure 4. Baseline CORT levels {ng ml - 1 ) of 38 ancient murrelets by number of chicks that departed to sea. All samples were taken at 
the end of incubation period at Reef Island in 2008, 
doi:10.1371/journal.pone.0084280.g004 
for murrelets [55,56]. RQincreased with date, perhaps indicating 
a change in energy sources from capital ~ess protein) to income 
(more protein) breeding [8]. 1-fass loss in ancient murrelets during 
incubation occurs linearly from clutch completion to hatching 
[31]. Also, incubation shift lengths of ancient murrelets tend to 
become shorter as incubation proceeds [5,30]. These factors 
suggest that the long incubation shifts of ancient murrelets rely on 
initial body reserves, and when energy production shifts towards 
reliance on concurrent foods, murrelets need to reduce shift 
lengths. Thus, variation of shift length within this species may 
depend on initial body reserves. 
After accounting for temperature, the RQ value was higher for 
birds that had been fasting longer. As discussed above, if fasting 
endurance is prolonged, metabolism may switch from prin1arily 
lipids, towards more protein [15,16,17,57], as reflected in an 
increased RQ [58]. However, previous studies were based on 
penguins and albatrosses, which fast for much longer than 
murrelets during incubation. Also, murrelets are much smaller 
than penguins and albatrosses and therefore lipid reserves are 
more limited, although most body composition variation in auks is 
due to variation in lipids [59,60,61]. Possibly, RQindex increases 
during the longest fasts in murrelets because the birds shift into 
phase III fasting, when protein catabolism increases [15,16,17]. 
Alternatively, the phases may be less distinct in murrelets than in 
penguins and some catabolism may occur prior to the commence-
ment of true phase III fasting. 
To conclude, we suggest that incubating ancient murrelets shift 
from a lipid-only metabolism towards a partly protein-based 
PLOS ONE www.plosone.org 6 
metabolism as their incubation shifts exceeded two days. The 
increase in RQ witl1 date implies a switch from reliance on capital 
(fat) to income (increasingly protein as the season progressed). 
High levels of plasma CORT were associated with birds that 
hatched only one nestling, indicating tliat elevated levels of CORT 
may have mediated reduced reproductive success. Due to the lack 
of correlation between CORT and incubation shift length, we 
suggest that those birds that undertook prolonged shifts did so only 
when they did not jeopardize their energy reserves. 
Acknowledgments 
We thank M. Yoneda who provided non-pecuniary help in the field. We 
also thank M. Burrel, E. Harris, S. Le Saout, G. Martin,]. Pattison, and K. 
W' oo for help in the field. Sable Systems International, especially Barbara 
Jones helped to establish the metabolic application and data compilation. 
S. Aris-Brosou provided useful comments on earlier versions of the paper. 
C. Eberl at Environment Canada in Ottawa and L. Mcknight-Yeates at 
Laskeek Bay Conservation Society in Queen Charlotte provided logistical 
support. K. Campbell at the University of:Manitoba kindly provided two 
FoxBox respiromters. 
Author Contributions 
Conceived and designed the experiments: AS KHE 1\JG. Performed the 
experiments: AS AJG. Analyzed the data: AS KHE KMO AJG. 
Contributed reagents/materials/analysis tools: AS KHE KMO AJG. 
Wrote the paper: AS KHE KNIO AJG. 
December 2013 Volume 8 Issue 12 e84280 
References 
I. Stearns SC (1992) The evolution of life histories. Oxford: Oxford University 
Press. 
2. Reid JM, Bignal EM, Bignal S, McCracken DI, Monaghan P (2003) 
Environmental variability, life-history covariation and cohort effects in the 
red-billed chough Pyrrhocorax pyrrhocorax.Journal of Animal Ecology 72: 36-
46. 
3. Reed TE, Waples RS, Schindler DE, HardlJ, Kinnison J'vIT (2010) Phenotypic 
plasticity and population viability: the importance of environmental predictabil-
ity. Proceedings of the Royal Society B: Biological Sciences 277: 3391-3400. 
4. Williams T (2012) Ph)~iological adaptations for breeding in birds. Princeton: 
Princeton University Press. 
5. Shoji A, Elliott KH, Aris-Brosou S, Crump D, Gaston AJ (2011) Incubation 
patterns in a central-place forager affect lifetime reproductive success: Scaling of 
patterns from a foraging bout to a lifetime. Plos One 6: el 7760. 
doi:l 7710.11371 /journal.pone.0017760. 
6. Whittow GC, Rahn H (1984) Seabird energetics. New York: Plcmun Press. 
7. Chaurand T, Weimerskirch H (1994) Incubation routine, body mass regulation 
and egg neglect in the Blue Petrel Halobama caerulm. Ibis 136: 285-290. 
8. Drent RH, Daan S (1980) The prudent parent - energetic adjustments in avian 
breeding. Ardea 68: 225-252. 
9. Hammond KA, Diamond] (1997) lvlmdmal sustained energy budgets in humans 
and animals. Nature 386: 457--462. 
I 0. Speakman JR, Krol E, Johnson MS (2004) The functional significance of 
individual variation in basal metabolic rate. Physiological and Biochemical 
Zoology 77: 900-915. 
11. Heath JP, Gilchrist HG, Ydenbcrg RC (2010) Interactions between rate 
processes with different time scales ex"Plain counterintuitive foraging patterns of 
arctic wintering eiders. Proceedings of the Royal Society B-Biological Sciences 
22: 3179-3186. 
12. Biro PA, StampsJA (2010) Do consistent individual differences in metabolic rate 
promote consistent individual diff~rences in behavior? Trends in Ecology & 
Evolution 25: 653-659. 
13. Blackmer AL, J'vlauck RA, Ackerman JT, Huntington CE, Nevitt GA, et al. 
(2005) Ex-ploring individual quality: basal metabolic rate and reproductive 
performance in storm-petrels. Behavioral Ecology 16: 906-913. 
14. Elliott KH, Le Vaillant J'vf, Kato A, Gaston AJ, Ropert-Coudert Y, et al. (2013) 
Age-related varia.tion in energy expenditure in a long-lived bird within the 
envelope of an energy ceiling. Journal of Animal Ecology: 1-11. 
15. Goodman MN, L~rscn PR, Kaplan M~M, Aoki TT, Young VR, et al. (1980) 
Sta1vation in the rat. II. Effect of age and obesity on protein sparing and fuel 
metabolism. AmericanJournal of Physiology 239: E277-E286. 
16. Le J'vlaho Y, Vankha HV, Koubi H, Dewasmes G, Girard], et al. (1981) Body 
composition, energy expenditure, and plasma metabolites in long-term fasting 
geese. American Journal of Ph)~iology 241: E342-E354. 
17. RobinJP, Frain M, Sardet C, Groscolas R, Le Maho Y (1988) Protein and lipid 
utilization during long-term fasting in emperor penguins. American Journal of 
Physiology 254: R61-R68. 
18. Kitai~ky AS, WingficldJC, PiattJF (1999) Dynamics of food availability, body 
condition and physiological stress response in breeding Black-legged Kittiwakes. 
Functional Ecology 13: 577-584. 
19. Buck CL, O'Reilly KM, Kildaw SD (2007) Interannual variability of Black-
legged Kittiwake productivity is reflected in baseline plasma corticosterone. 
General and Comparative Endocrinology 150: 430--436. 
20. Kitaysky AS, PiattJF, WingfieldJC (2007) Stress hormones link food availability 
and population processes in seabirds. ~'Larine Ecology Progress Series 352: 245-
258. 
21. Bonier F, i\foorc IT, Martin PR, Robertson RJ (2009) The relationship between 
fitness and baseline glucocorticoids in a passerine bird. General and 
Comparative Endocrinology 163: 208-213. 
22. OuyangJQ, Sharp PJ, Dawson A, Quctting M, Hau M (2011) Hormone levels 
predict individual differences in reproductive success in a passerine bird. 
Proceedings of the Royal Society B: Biological Sciences 278: 2537-2545. 
23. Cyr NE, Romero Li\{ (2007) Chronic stress in free-living European starlings 
reduces corticosterone concentrations and reproductive success. General and 
Comparative Endocrinology 151: 82-89. 
24. Silveria B (1986) Corticosterone-bindingproteins and behavioral effects of high 
plasma levels of corticosterone during the breeding period in the pied flycatcher. 
General and Comparative Endocrinology 64: 67-74. 
25. Silverio B (1990) Testosterone and corticosterone and their relation to territorial 
and parental behavior in the pied flycatcher. In: BalthazartJ, editor. Hormones, 
Brain and Behaviour in.Vertebrates, Vol 2 - Behavioural Activation in ~ifales 
and Females - Social Interactions and Reproductive Endocrinology. 129--142. 
26. Silveria B (1998) Behavioural and hormonal responses of the pied flycatcher to 
environmental stressors. Animal Behaviour 55: 1411-1420. 
27. Angelier F, Clement-Chastcl C, Wclckcr J, Gabrielsen GW, Chaste! 0 (2009) 
How does corticosterone affect parental behaviour and reproductive success? A 
study of prolactin in black-legged kittiwakes. Functional Ecology 23: 784-793. 
28. Crespi EJ, Williams TD, Jessop TS, Delehanty B (2013) Life history and the 
ecology of stress: how do glucocorticoid hormones influence life-history variation 
in animals? Functional Ecology 27: 93-106. 
PLOS ONE I www.plosone.org 7 
Incubation Costs in Murrelets 
29. Speakman JR (1997) Doubly labelled water: Theory and practice. London: 
Chapman & Hall. 
30. Gaston AJ (1992) The Ancient Murrelet: a natural history in the Queen 
Charlotte Islands. London: T & A D Poi~er. 
31. Gaston AJ,Jones IL (1998) The auks: Alcidae. Oxford: Oxford University Press. 
32. Weimcrskirch H, Shaffer SA, Mabille G, Martin J, Boutard 0, et al. (2002) 
Heart rate and energy expenditure of incubating 'Vandering Albatrosses: basal 
levels, natural variation, and the effects of human disturbance. Journal of 
Experimental Biology 205: 475--483. 
33. Gaston AJ (1996) A nest box for Ancient Murrclcts. Colonial Waterbirds 19: 
116-120. 
34. Brown CR ( 1988) Energy e:-q:iendittire during incubation in four species of sub-
Antarctic burrowing petrels. Ostrich 59: 67-70. 
35. Pettit TN, Nagy KA, Ellis HI, Whittow GC (1988) Incubation energetics of the 
Laysan Albatross. Oecologia 74: 546-550. 
36. Lighton JRB (2008) Measuring metabolic rates: a manual for scientists. New 
York, NY: Oxford University Press. 
37. Speakman JR (1997) Doubly labelled water - theory and practice. London: 
Chapman and Hall. 
38. Romero LM, Reed JM (2005) Collecting baseline corticosterone samples in the 
field: is under 3 min good enough? Comparative Biochemistry and Physiology a-
lvlolecular & Integrative Physiology 140: 73-79. 
39. Landys MM, Ramcnofsky lv!, Wingfield JC (2006) Actions of glucocorticoids at a 
seasonal baseline as compared to stress-related levels in the regulation of periodic 
life processes. General and Comparative Endocrinology 148: 132-149. 
40. R Development Core Team (2011) R: A language and environment for 
statistical computing. Vienna, Austlia: R Foundation for Statistical Computing. 
41. Kita)~ky AS, Kitaiskaia E, Piatt J, Wingfield JC (2003) Benefits and costs of 
increased levels of corticosterone in seabird chicks. Hormones and behavior 43: 
140-149. 
42. Kita)~ky AS, Kitaiskaia EV, Piatt JF, Wingfield JC (2006) A mechanistic link 
between chick diet and decline in seabirds? Proceedings of the Royal Society B: 
Biological Sciences 273: 445--450. 
43. Angclicr F, Shaffer SA, Weimerskirch H, Trouve C, Chaste! 0 (2007) 
Corticosterone and foraging behavior in a pelagic seabird. Physiological and 
Biochemical Zoology 80: 283-292. 
44. Angelier F, Bost CA, Giraudeau i\I, Bouteloup G, Dano S, ct al. (2008) 
Corticosterone and foraging behavior in a diving seabird: The Adclie penguin, 
Ij-goscelis adeliae. General and Comparative Endocrinology 156: 134-144. 
45. Angelier F, Giraudeau M, Bost CA, Le Bouard F, Chastcl 0 (2009) Are stress 
hormone levels a good proxy of foraging success? An experiment with King 
Penguins, Aptenodi1es patagonicus.Journal ofE.xperimental Biology 212: 2824-
2829. 
46. Willia~s CT, Kitaysky AS, Kettle AB, Buck CL (2008) Corticosterone levels of 
tufted puffins vary with breeding stage, body condition index, and reproductive 
performance. General and Comparative Endocrinology 158: 29--35. 
47. BuntinJD (1996) Neural and hormonal control of parental behaviour in birds. 
In: Rosenblatt JS, Snowdon CT, editm~. Advances iri the Study of Behavior. 
New York: Academic Press. 161-2 l 3. 
48. Chaste! 0, LacroLx A, Weimcrskirch H, Gabrielsen GW (2005) Modulation of 
prolactin but not corticosterone responses to stress in relation to parental effort 
in a long-lived bird. Hormones and Behavuor 47: 459--466. 
49. Angelier F, Chaste! 0 (2009) Stress, prolactin and parental investment in birds: 
A review. General and Comparative Endocrinology 163: 142-148. 
50. Heidinger BJ, Nisbet ICT, Ketterson ED (2006) Older parents are less 
responsive to a stressor in a long-lived seabird: a mechanism for increased 
reproductive performance with age? Proceedings of the Royal Society B: 
Biological Sciences 273: 2227-2231. 
51. Newman SH, Carter HR, Whitworth DL, Zink!JG (2005) Health assessments 
and stress response of Xantus's i\1Iurrelets to capture, handling, and radio-
marking. Marine Ornithology 33: 147-154. 
52. Benowitz-Fredericks ZM, Shultz MT, Kita)~ky AS (2008) Stress hormones 
suggest opposite trends of food availability for planktivorous and piscivorous 
seabirds in 2 years. Deep-Sea Research Part II-Topical Studies in Oceanogra-
phy 55: 1868-1876. 
53. Elliott KH, McFarlanc-Tranquilla L, Burke CM, Hedd A, Montevecchi WA, ct 
al. (2012) Year-long deployments of small geolocators increase cmiicosterone 
levels in murres. :i\farine Ecology-Progress Series 466: l-7. 
54. Walsberg GE, Tracy RL, Hoffman TCM (1997) Do metabolic responses to solar 
radiation scale directly with intensity of irradiance? Journal of Experimental 
Biology 200: 2115-2121. 
55. Groscolas R, Robin JP (2001) Long-term fasting and re-feeding in penguins. 
Comparative Biochemistry and Physiology A-Molecular & Integrative Physiol-
ogy 128: 645-655. 
56. Bernard SF, OrvoineJ, Groscolas R (2003) Glucose regulates lipid metabolism 
in fasting king penguins. AmericanJournal of Physiology-Regulatory Integrative 
and Comparative Physiology 285: 313-320. 
57. Groscolas R (1990) Metabolic adaptations to fasting in emperor and king 
Penguins. In: Davis LS, Darby JT, editors. Penguin Biology. San Diego: 
Academic Press. 269-296. 
December 2013 I Volume 8 I Issue 12 I e84280 
58, Ellis HI, Gabrielsen GW (2002) Energetics of free-ranging seabirds. In: 
Schreiber EA, Burger J, editors. Biology of marine birds. Boca Raton, F1orida: 
CRC Press. 35!f-407. 
59. Niizuma Y, Araki Y, lvlori H, Takahashi A, Watanuki Y (2002) Responses of 
body components to changes in the energetic demand throughout the breeding 
stages of rhinoceros auklets. CanadianJournal of Zoology 80: 1549--1555. 
60, Elliott KH,Jacobs SR, Ringrose], Gaston AJ, Davoren GK (2008) Is mass loss 
in Brilnnich's guillemots Uria lomvia an adaptation for improved flight 
PLOS ONE I www.plosone.org 
Incubation Costs in Murrelets 
performance or improved dive performance? Journal of Avian Biology 39: 
619--628. 
61. Jacobs SR, Edwards DB, Ringrose J, Elliott KH, Weber JM, ct al. (2011) 
Changes in body composition during breeding: reproductive strategies of three 
species of seabirds under poor environmental conditions. Comparative 
Biochemisll)' and Physiology B-Biochemistry & Molecular Biology 158: 77-82. 
8 December 2013 I Volume 8 I Issue 12 I e84280 
